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Abstract: A major uncertainty in estimating energy bud-
gets and population densities of extinct animals is the carry-
ing capacity of their ecosystems, constrained by net primary
productivity (NPP) and its digestible energy content. The
hypothesis that increases in NPP due to elevated atmospheric
CO2 contributed to the unparalleled size of the sauropods
has recently been rejected, based on modern studies on her-
bivorous insects that imply a general, negative correlation of
diet quality and increasing CO2. However, the nutritional
value of plants grown under elevated CO2 levels might be
very different for vertebrate megaherbivores than for insects.
Here we show plant species-specific responses in metaboliz-
able energy and nitrogen content, equivalent to a two-fold
variation in daily food intake estimates for a typical sauro-
pod, for dinosaur food plant analogues grown under CO2
concentrations spanning estimates for Mesozoic atmospheric
concentrations. Our results potentially rebut the hypothesis
that constraints on sauropod diet quality were driven by
Mesozoic CO2 concentration.
Key words: Mesozoic, sauropod, diet, atmospheric CO2,
metabolizable energy, carrying capacity.
MANY Mesozoic terrestrial ecosystems were dominated by
sauropod dinosaurs (Farlow et al. 2010; Sander et al.
2011; Barrett 2014) some of which reached over 50 metric
tons in body mass during the Jurassic and Cretaceous
(Sander et al. 2011). Global Mesozoic climate was very
different to that of the present day, with equable tempera-
tures, a low tropic to pole heat gradient with little polar
ice (Frakes & Krassay 1992) and elevated atmospheric
CO2 concentrations. A recent compilation of CO2 esti-
mates (Foster et al. 2017) based on data from palaeosol,
stomata, liverwort and alkenone proxies estimated Meso-
zoic carbon dioxide levels of between 229 (Late Creta-
ceous) and 2132 ppm (Late Triassic) compared to the
present (~400 ppm) (Cerling 1991, 1992; Andrews et al.
1995; Ghosh et al. 1995; Beerling et al. 1998; McElwain
1998; Ekart et al. 1999; Lee 1999; Lee & Hisada 1999;
McElwain et al. 1999; Chen et al. 2001; Ghosh et al.
2001, 2005; Tanner et al. 2001; Beerling & Royer 2002;
Nordt et al. 2002, 2003; Robinson et al. 2002; Greenwood
et al. 2003; Tabor et al. 2004; Haworth et al. 2005; McEl-
wain et al. 2005; Prochnow et al. 2006; Sandler 2006; Sun
et al. 2007; Cleveland et al. 2008; Fletcher et al. 2008;
Beerling et al. 2009; Leier et al. 2009; Passalia 2009; Quan
et al. 2009; Retallack 2009; Yan et al. 2009; Barclay et al.
2010; Bonis et al. 2010; Doria et al. 2011; Schaller et al.
2011; Steinthorsdottir et al. 2011, 2016; Wan et al. 2011;
Gutierrez & Sheldon 2012; Hong & Lee 2012; Huang
et al. 2012, 2013; Schaller et al. 2012, 2015; Mortazavi
et al. 2013; Franks et al. 2014; Li et al. 2014; Ludvigson
et al. 2015; Mays et al. 2015; Nordt et al. 2015;
Steinthorsdottir & Vajda 2015; Whiteside et al. 2015; Du
et al. 2016; Naafs et al. 2016; Wu et al. 2016). Both tem-
perature and atmospheric CO2 can have a profound effect
on vegetation and net primary productivity (Beerling &
Woodward 2001), although other authors have ques-
tioned the assumption that CO2 is the most important
driver of plant growth (e.g. K€orner 2015). It has been
postulated that sauropod gigantism was related to food
availability and quality during the Mesozoic, but the nat-
ure of this relationship has been disputed.
Burness et al. (2001) speculated that increases in net
primary production (NPP) as a function of elevated
Mesozoic atmospheric CO2 levels was an enabling factor
allowing sauropods to achieve their unprecedented size.
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This hypothesis was rejected by Midgley et al. (2002),
who posited that light, water and nutrients would be lim-
iting factors to increasing NPP even under high atmo-
spheric CO2 concentrations. Outside of direct effects of
CO2 on plant growth (i.e. NPP) there are thought to be
indirect CO2 effects on the digestibility and nutritional
value of plant material and it is this latter hypothesis we
explicitly test in this study. This is because numerous
authors (e.g. Midgley et al. 2002; Sander et al. 2011;
Wilkinson & Ruxton 2013; Barrett 2014) have suggested
that even if NPP did increase under elevated atmospheric
CO2 levels, the poor nutritional quality of Mesozoic fod-
der, either as an inherent trait of non-angiosperm plants
(Weaver 1983) or due to low nitrogen content as a result
of growth under elevated CO2 (Midgley et al. 2002;
Wilkinson & Ruxton 2013), may have resulted in sauro-
pods being obliged to consume vast quantities of food,
necessitating large body size. Much evidence cited by
those authors focuses on the response of angiosperms to
CO2 growth concentrations up to twice current ambient
levels and the effect on associated insect herbivores (e.g.
Roth & Lindroth 1995; Curtis 1996; Wand et al. 1999;
Ehleringer et al. 2002; K€orner 2004). However, non-
angiosperm flora formed the bulk of sauropod diet;
Mesozoic atmospheric concentrations of CO2 at times sig-
nificantly exceeded twice current ambient levels, and the
physiology, digestive processes and metabolism of verte-
brate megaherbivores differ greatly from those of insects
(Karasov & Douglas 2013). Consequently, the results of
these insect feeding trials may not be directly transferable
to understanding food quality for sauropods.
Alongside higher nitrogen:energy requirements, a criti-
cal difference between insects and sauropods is that the
majority of insect herbivores use cell contents, including
non-structural carbohydrates such as starches and sugars,
as their primary food source, whereas vertebrate megaher-
bivores utilize cell wall material (i.e. structural carbo-
hydrates such as cellulose) as a food source, via
fermentation by gut microbes (Karasov & Douglas 2013).
Multiple lines of evidence indicate that sauropod dino-
saurs also depended on gut microbes for fermentation of
plant material in their diet (Farlow 1987; Hummel &
Clauss 2011; Sander et al. 2011) therefore in vitro fermen-
tation experiments represent an alternative approach to
investigating food quality for plants grown under elevated
CO2 (Akin et al. 1995; Carter et al. 1999; Morgan et al.
2004; Muntifering et al. 2006).
Combining in vitro fermentation experiments with
plant growth experiments at CO2 concentrations repre-
senting Mesozoic atmospheric estimates provides a novel
mechanistic framework to evaluate the nutritional value
of sauropod food plants and test the competing theories
of food quality and sauropod gigantism (Weaver 1983;
Burness et al. 2001; Midgley et al. 2002; Sander et al.
2011; Wilkinson & Ruxton 2013; Barrett 2014). We
emphasize that the experiments reported here were
designed to address the knowledge gaps mentioned above,
specifically in the plant species selected (dinosaur food
plant analogues, predominantly gymnosperms and
monilophytes rather than angiosperms), in the range of
CO2 growth concentrations used, reflecting current con-
sensus on Mesozoic atmospheric CO2 concentration esti-
mates, and in the method of evaluating nutritional value,
here represented by metabolizable energy and nitrogen
content. Inevitably, our experiments have inherent limita-
tions and represent a gross simplification of reality, but
we believe that they can still contribute to the under-
standing of sauropod food quality during the Mesozoic.
MATERIAL AND METHOD
Plant growth experiments
Understory plants were chosen as models representative
of the Mesozoic community (Gill et al. 2018, SI 1.1) with
Polypodium vulgare (a fern) and Equisetum hyemale (a
horsetail) representing a pre-Cretaceous monilophyte
flora (Pryer et al. 2004) and Ranunculus acris used as an
analogue to some of the earliest Cretaceous herbaceous
angiosperms, due to the antiquity of the family (Crane
et al. 2000; Friis et al. 2010). Canopy plants are living
examples of plants from groups with a well characterized
fossil record, namely the gymnosperms Metasequoia glyp-
tostroboides, Gingko biloba and Araucaria araucana (Lu
et al. 2014). The CO2 growth concentrations were selected
to span the range of recent estimated CO2 values for the
Mesozoic (Foster et al. 2017).
All experiments were conducted in two walk-in growth
room chambers (UNIGRO, UK) meaning two [CO2] treat-
ments could be run concurrently. Complete air exchange
within each cabinet occurred three times per hour ensuring
a fully mixed atmosphere. The first sets of experiments were
conducted on the three understorey species, the angiosperm
R. acris and the monilophytes P. vulgare and E. hyemale.
The understorey species were grown for three months under
treatment. Firstly, these species were grown at 400 and
1200 ppm CO2 for three months (May–August 2012).
R. acris was grown from seed that germinated under treat-
ment; P. vulgare and E. hyemale were placed under treat-
ment as 3–4 month old plants. Secondly the growth
chambers were reprogrammed to 800 and 2000 ppm CO2
and the process repeated with fresh plants (August–Novem-
ber 2012). All canopy species were placed under treatment
as small 3–5 month old seedlings for a period of 6 months.
The potting medium used for all plants was Levington M3.
The canopy species were initially grown at 800 and
2000 ppm CO2 (July–December 2013) and then new plants
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were sourced and the process repeated with the growth
rooms reprogrammed to 400 and 1200 ppm (January–July
2014). All other growth conditions remained constant.
Plants received 10 hours of light (300 lmol/m2/s) per day
in a simulated day/night program. Night temperature was
set at a high of 17°C and daytime temperature peaked at
20°C for the understory and 22°C for the canopy species.
Relative humidity was set at 70%. Throughout the experi-
mental programme set points were monitored and there was
minimal deviation from these set points. In all cases plants
were kept well-watered throughout their experiment and no
additional fertilizer was applied due to the relatively short
growth period of the experiment. Visual inspection of the
plants throughout the experimental treatment indicated that
plants were not under nutrient stress. Extensive ecophysio-
logical measurements taken throughout the experiment and
prior to harvest (Lee 2015) also showed no evidence of plant
stress. In all cases plant material harvested and used in the
analysis had developed in the target CO2 atmosphere.
Work in growth chambers is by necessity a trade-off
between facilities and time available to undertake the exper-
iments. Ideally CO2 treatments would be repeated or run in
parallel in a number of different chambers to fully test for
chamber effects; effects driven entirely by the chamber
which are independent of growth conditions (Porter et al.
2015). Whilst this approach is feasible when comparing two
different CO2 concentrations this approach would quickly
become untenable when comparing multiple species across
multiple CO2 treatments. As an alternative, we have focused
on within-chamber plant replication and switching cham-
bers for CO2 treatments. An additional limitation is the rel-
atively short duration of the experiments, which we have
acknowledged in the interpretation of our results.
At the end of the experimental run (three months for
understory plants and six months for canopy species)
leaves of the experimental plant material that had devel-
oped in the target CO2 concentration were harvested and
then dried at 60°C. The duration of the understory versus
the canopy experiments was different due to understory
plants reaching maturity (either the production of flowers
in the case of R. acris or spore production in P. vulgare;
E. hyemale was also harvested at this time to allow for
comparison) sooner than the canopy plants.
Leaves from individual plants (five plants per species
per CO2 treatment) under investigation were harvested,
pooled and after drying were milled to ~1 mm. From this
bulk sample three aliquots were taken for the in vitro fer-
mentation experiments described below.
In vitro fermentation experiments
Hohenheim Gas Test equipment was used for in vitro eval-
uation of the digestibility of plant samples. Briefly, milled
plant samples were incubated with cattle rumen fluid in
gas-tight syringes at 37°C (Menke & Steingass 1988). Gas
production techniques are widely applied in agricultural
feed evaluation and the strong relationship between
digestibility and gas production is due to the direct stoi-
chiometric linking of the production of gas and short chain
fatty acids (SCFA) (Bl€ummel et al. 1999). The latter are the
major end products of gut microbial fermentation and rep-
resent the major energy source for the host animal. The
experiments were conducted over 72 h in order to reliably
estimate the fermentation parameters (a + b; k). The length
of the experiment also reflects the long ingesta retention
time inferred for sauropod dinosaurs (Sander et al. 2011).
Gas readings were taken at 4, 8, 12, 24, 32, 48, 56 and 72 h.
The fermentation parameters a + b (maximal gas pro-
duction) and c (fractional fermentation rate) were esti-
mated using the model:
GP ¼ aþ b ð1 ectÞ
with GP being gas production at time t, a + b being maximal
gas production (mL/200 mg DM) and c being the fractional
fermentation rate (per h) (Bl€ummel & Oerskov 1993).
Metabolizable energy estimation
Metabolizable energy (ME) was estimated from a linear
regression set up from a data set of 24 h GP and ME con-
tents of 24 feeds, based on data from (Menke & Huss 1987):
ME ½MJ=kg DM ¼ 0:1474 24 h GP½mL=200 mg DM
þ 2:6412ðR2 ¼ 0:8154Þ
Nutrient analyses
Neutral detergent fibre (NDF) and acid detergent lignin
(ADL) analyses were done according to official German
recommendations (values expressed without residual ash)
(VDLUFA 2012). Both NDF and ADL were analysed
using the Ankom fibre bag technique (Ankom Technol-
ogy, Macedon, NY, USA).
Carbon and nitrogen analysis was carried out using a
FLASH EA1121 CNS analyser (Thermo Scientific; https://
www.thermofisher.com). Three ~20 mg subsamples of the
pooled leaf material were analysed per species per CO2
treatment. Percentages of carbon and nitrogen were deter-
mined for each treatment and C:N ratio was calculated
from these values.
Statistical analyses
Effects of plant type and CO2 concentration on fermenta-
tion parameters (a + b; c) were evaluated via a two-
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factorial ANOVA (Gill et al. 2018, SI 2.1) followed by com-
parison of means by the Tukey–Kramer method, using
SAS software (Gill et al. 2018, SI 3–5). The Tukey–
Kramer method was also applied to evaluate differences
in mean % N within taxa (Gill et al. 2018, SI 6).
To estimate ME of individual taxa grown under esti-
mated Mesozoic atmospheric CO2 concentrations (Foster
et al. 2017), polynomial regression equations were applied
to the data (Gill et al. 2018, SI 7).
NITROGEN
Results
Changes in nitrogen content for the six species investi-
gated did not show any clear trends with increasing CO2
growth concentration (Fig. 1A; Gill et al. 2018, SI 6).
When comparing plants grown at 400 ppm CO2 and
800 ppm CO2 (comparable to the modern ambient and
twice-ambient values used in the majority of published
studies) two of the six experimental taxa, R. acris and
G. biloba, showed a significant reduction in % N content;
A. araucana and P. vulgare showed a significant increase
in % N; and the % N content of E. hyemale and M. glyp-
tostroboides was not significantly different between the
two treatments (Fig. 1A; Gill et al. 2018, SI 6). When
comparing N content between ‘ambient’ (i.e. 400 ppm)
and CO2 growth concentrations higher than twice-ambi-
ent (i.e. our 1200 and 2000 ppm growth treatments), dif-
ferences were observed for some taxa. Metasequoia
glyptostroboides showed a notable decrease in % N at
higher CO2 growth concentrations (Gill et al. 2018, SI 6)
and a two-fold increase in C:N ratio for the 1200 ppm
treatment compared to the 400 ppm and 800 ppm CO2
treatments (Fig. 1B). The % N value for E. hyemale was
significantly higher for plants grown under 2000 ppm
CO2 than for all other CO2 concentrations.
Discussion
Few published data exist on carbon and nitrogen content
under ambient or elevated CO2 growth conditions for
our experimental species. Hummel et al. (2008) measured
crude protein content of a number of plant species from
ambient conditions, including G. biloba and Equisetum
spp., from which % N can be derived (crude protein is
calculated as % N 9 6.25). Our results for plants grown
under the ambient-equivalent treatment (i.e. 400 ppm
CO2) are similar to those of Hummel et al. (2008), with
our G. biloba leaves having 2.14% N vs 2.5% N for those
of Hummel et al. (2008) and our E. hyemale having
1.80% N vs 1.9% N for Equisetum spp. from Hummel
et al. (2008). Similarly, Decherd (2006) measured 2.4% N
and a C:N ratio of 21.4 in G. biloba leaves grown under
ambient CO2 concentration (370 ppm) and 1.3% N and
a C:N ratio of 40.3 in G. biloba leaves grown under
2000 ppm CO2 (both treatments with ambient O2). For
comparison, our G. biloba % N was 1.19 for plants grown
under 2000 ppm CO2 and our C:N ratios were 22 for
plants grown under 400 ppm CO2 and 38 for plants
grown under 2000 ppm CO2. Bacon et al. (2016) found a
considerably lower mean % N for G. biloba of 0.68 for
plants grown under ambient conditions (380 ppm CO2
and 20.9% O2) and 0.21 for plants grown under
1500 ppm CO2, with corresponding C:N ratios of 73 and
242.
The assumption that leaf % N content of Mesozoic
flora would have been reduced and C:N ratios increased
by elevated atmospheric CO2 concentrations (Midgley
et al. 2002; Sander et al. 2011; Wilkinson & Ruxton 2013)
is based on studies that focused largely on angiosperms
(Roth & Lindroth 1995; Curtis 1996; Wand et al. 1999;
Ehleringer et al. 2002; K€orner 2004) with nitrogen data
from only two non-angiosperm species (Pinus ponderosa
and Pinus taeda; Curtis 1996). These and other studies
F IG . 1 . A, % N content; B, C:N content of experimental taxa
at experimental CO2 growth concentrations. Note symbols for
E. hyemale and P. vulgare are of a different size to enable all
data points to be displayed. C:N ratio data for A. araucana not
available. Where error bars are not shown, error is within the
display of the symbol.
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(e.g. Stiling & Cornelissen 2007) undoubtedly show an
overall trend towards reduced leaf % N with elevated
CO2 growth concentration, including the majority of the
limited number of gymnosperm taxa studied, but some
species deviate from this trend. For example, leaf nitrogen
content was reduced in the angiosperm Betula papyrifera
but not the gymnosperm Pinus strobus for plants grown
at elevated (650 ppm) versus ambient (350 ppm) CO2
concentrations (Roth & Lindroth 1994). Similarly, a
recent study investigating the effects of simulated
palaeoatmospheres on non-angiosperm plant growth
(Bacon et al. 2016) found that one of the six species stud-
ied, Nageia nagi, had a lower C:N ratio and higher % N
for plants grown under 1500 ppm CO2, compared to
those grown under ambient CO2 concentrations. These
findings are consistent with our results and together these
examples indicate that a reduction in leaf % N is not a
universal consequence of growth under elevated CO2, at
least for gymnosperms, but may be taxon-specific. Our
results also reinforce previous findings (e.g. Kaplan et al.
2012) that plant responses to moderately elevated CO2
may be different under superelevated CO2 concentrations.
However, an important caveat when interpreting nitrogen
data from both our study and those cited, is that all were
based on growth experiments of relatively short duration:
35 days for Decherd (2006); 53 days for Roth & Lindroth
(1994); 3 months for our understory plants; 6 months for
our canopy plants; and 18 months for Bacon et al. (2016)
(K. Bacon, pers. comm. November 2017). The short dura-
tions of these experiments mean that nitrogen in the
growth medium is unlikely to be significantly depleted
and become a limiting factor for growth, which may be
the case in natural environments (e.g. K€orner 2015).
As discussed above, changes in leaf nitrogen content or
C:N values are not inevitable for plants grown under ele-
vated CO2 concentrations, but if they did occur, sauro-
pods may have responded differently to modern insect
herbivores. The most fundamental difference between the
insects in the studies cited (Roth & Lindroth 1994, 1995;
Ehleringer et al. 2002) and sauropods, is the reliance of
the former on cell contents (Abe & Higashi 1991) and the
presumed reliance of the latter on microbial fermentation
of cell walls (Farlow 1987; Hummel & Clauss 2011; San-
der et al. 2011) to meet their nutritional needs. Phy-
tophagous (sensu Abe & Higashi 1991) insects have low
absolute energy requirements and high nitrogen require-
ments, which are met by cell contents (Karasov & Dou-
glas 2013). They may therefore be particularly sensitive to
decreases in leaf % N or increases in leaf C:N ratio.
Megaherbivores have high absolute energy demands,
which can be met by fermentation of abundant cell wall
material, and may have metabolic (e.g. lower metabolic
rates), physiological (e.g. larger body size) or behavioural
(e.g. lower activity levels) adaptations to accommodate
food resources with low leaf % N or high C:N ratio (e.g.
Grubb 1992; Midgley 2005; Hummel et al. 2008). The few
published studies applying the feeding trial approach to
vertebrates (Wroblewitz et al. 2008; Habeck & Lindroth
2013), albeit with a limited number of taxa and CO2 con-
centrations, have shown no negative impact of food plant
growth under elevated CO2.
The evidence presented here indicates that nitrogen
content of food plants may not necessarily have been a
limiting factor in sauropods’ use of plant resources dur-
ing the Mesozoic. This does not exclude the possibility
that it may have been a limiting factor for some taxa, but
strongly suggests that the effect may be species-specific.
METABOLIZABLE ENERGY
Results
Figure 2 summarizes ME (estimated from gas production
(GP) as described in Material and Method, above), neu-
tral detergent fibre (NDF) and acid detergent lignin
(ADL) values for each experimental taxon, under each
CO2 growth concentration.
Plant species and CO2 growth concentration both sig-
nificantly affected the rate and extent of GP (Gill et al.
2018, SI 2.1, 2.2) and hence ME content (Fig. 2A).
E. hyemale had the maximum GP of the taxa investigated
and A. araucana had the lowest overall cumulative GP
(Gill et al. 2018, SI 2.1, 3.1). When comparing the mean
GP across all taxa, the highest overall GP was associated
with growth under 1200 ppm CO2 (Gill et al. 2018, SI 4).
GP also varied significantly between plants of the same
taxon grown at different CO2 concentrations for all
experimental taxa except E. hyemale (although not neces-
sarily between every CO2 growth concentration for each
species) (Gill et al. 2018, SI 5). These results demonstrate
the impact of taxon and CO2 growth concentration on
the digestibility of plant matter by digestive tract
microbes.
Discussion
Our results show that the GP, and therefore ME content, of
the two monilophyte species and one of the gymnosperm
species tested (M. glyptostroboides) is comparable to (or
exceeds in the case of E. hyemale) that of the angiosperm
species evaluated, when comparing mean values across all
CO2 treatments (Gill et al. 2018, SI 3). This is consistent
with previous findings, albeit on plants grown under mod-
ern ambient CO2, demonstrating that the ME content of
some potential dinosaur food plant analogues is not intrin-
sically low, but is comparable to angiosperm ME values in
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some cases (Hummel et al. 2008). Looking at each taxon
individually, maximum ME (Fig. 2A) was estimated in
plants grown at a CO2 concentration of 1200 ppm, for
five of the six taxa evaluated, although this difference
was statistically significant (based on measured gas pro-
duction) only for G. biloba (Gill et al. 2018, SI 5). A
corresponding decrease in NDF (i.e. hemicellulose, cellu-
lose and lignin, also referred to as structural carbohy-
drates) and ADL at this CO2 concentration was
observed (Fig. 2B, C), which may be due to increased
production of easily-fermented non-structural carbohy-
drates, such as sugars, at the expense of structural car-
bohydrates. Metasequoia glyptostroboides exhibited a
different response, with ME decreasing and ADL increas-
ing with increasing CO2 growth concentrations. The
negative correlation between ME and ADL has been
observed in previous studies (Hummel et al. 2006), and
is attributed to the fact that lignin is not only not fer-
mentable by gut microbes in anaerobic environments,
but also forms linkages to normally digestible structural
carbohydrates, especially hemicelluloses, rendering them
completely indigestible (Van Soest 1994). The same rea-
soning may also explain why E. hyemale has the highest
overall ME, since it has very low ADL content, implying
that the majority of structural carbohydrates are available
for fermentation. The low lignin content of E. hymale
may be due to use of silica as an alternative structural
element, which has also been reported for Mesozoic
examples of the genus (e.g. Channing et al. 2011).
Our experiments have demonstrated species-specific
responses, in terms of ME content, to growth under
elevated CO2 concentrations (Fig. 2), which may have
had significant implications for the amount of plant
biomass needed to sustain terrestrial herbivores during
the Mesozoic. We have modelled the effect of differing
food ME content on estimated sauropod daily intake
requirements for a range of sauropod body sizes and
metabolic rates corresponding a typical modern reptile
(55 kJ ME/kg BW0.75/day), a typical modern mammal
(550 kJ ME/kg BW0.75/day) and two intermediate meta-
bolic rates (Hummel et al. 2008; Fig. 3; Gill et al. 2018,
SI 8.1). Using our experimental results, we estimate that
a hypothetical 30 t sauropod with an energy require-
ment of 280 kJ ME/kg BW0.75/day (i.e. with a metabo-
lism intermediate between modern lizards and
mammals; Hummel et al. 2008) would need to eat
110 kg per day (all food intake estimates are reported
on a dry matter (DM) basis for ease of comparison) of
A. araucana grown under atmospheric CO2 concentra-
tions of 2000 ppm, whereas an identical animal would
need to eat less than half that amount, i.e. 51 kg/day,
if feeding exclusively on E. hyemale grown under CO2
levels of 1200 ppm (Gill et al. 2018, SI 8.2). Extending
this approach, we have modelled (Fig. 4) expected
changes in ME as CO2 concentrations fluctuated
through the Mesozoic (Fig. 4A; Foster et al. 2017). Fig-
ure 4B–C shows estimates of ME for the experimental
taxa and Figure 4D indicates how broad resolution
modelled variation in atmospheric CO2 may have
impacted food intake for browsing/canopy-feeding saur-
opods versus understory-consuming sauropods through-
out the Mesozoic (Gill et al. 2018, SI 8.3). Food intake
estimates are higher for browsing/canopy feeding sauro-
pods than for understory-consuming sauropods
throughout the Mesozoic, but the intake estimates for
these two broad diet categories during the Mesozoic
run largely in parallel, until the Late Cretaceous, when
browser/canopy-feeding intake estimates are substantially
reduced, although still considerably higher than for
understory eaters.
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F IG . 2 . A, metabolizable energy (ME) content; B, acid deter-
gent lignin (ADL) content; C, neutral detergent fibre (NDF)
content of experimental taxa at experimental CO2 growth con-
centrations.
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REVISED SAUROPOD DINOSAUR
BIOMASS AND POPULATION DENSITY
IN THE MORRISON FORMATION
The Late Jurassic Morrison Formation is one of the most
well-known and widely studied dinosaur deposits,
allowing us to translate and apply our theoretical
approach to the fossil record. Niche partitioning between
sauropod species in the formation has been suggested
based on multiple lines of evidence (Farlow et al. 2010),
including (but not restricted to) skull functional mor-
phology (Button et al. 2014), carbon stable isotopic anal-
ysis of bones and teeth (T€utken 2011) and tooth
replacement rates (D’Emic et al. 2013). For example,
Morrison Formation Diplodocus sp. have been interpreted
F IG . 3 . Daily food intake estimates at variable metabolizable
energy content of food for: A, 10 t sauropod; B, 30 t sauropod;
C, 70 t sauropod; assuming a metabolic rate of: 55 kJ ME/kg
body weight0.75 (red, equivalent to modern day reptiles);
280 kJ ME/kg body weight0.75 (blue); 410 kJ ME/kg body
weight0.75 (black); 550 kJ ME/kg body weight0.75 (grey, equiva-
lent to modern day mammals) (Hummel et al. 2008). Body sizes
were chosen to represent small, average and maximal sauropod
body size illustrated in: A, by Diplodocus sp.; B, by Brachiosaurus
sp.; C, by Dreadnoughtus sp. See Gill et al. (2018, S. I. 8.1) for
details of calculations.
A
B
C
D
F IG . 4 . A, atmospheric CO2 estimates through the Mesozoic
(Foster et al. 2017). B, estimated ME values for canopy experi-
mental taxa throughout the Mesozoic. C, estimated ME values
for understory experimental taxa throughout the Mesozoic. D,
daily food intake estimates for hypothetical 30 t sauropod with a
metabolic rate of 280 kJ ME/kg body weight0.75 during the
Mesozoic with browsing (A. araucana + M. glyptostroboides +
G. biloba) vs understory (E. hyemale + R. acris + P. vulgare)
diet. See Gill et al. (2018, SI 8.3) for details of calculation.
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as low browsers, with a diet based on consuming monilo-
phytes such as ferns and Equisetum sp., whereas Morrison
Formation Camarasaurus sp. show evidence for higher
browsing and a more mixed diet, with a higher propor-
tion of woody, probably coniferous material (Button et al.
2014; T€utken 2011). Combining this palaeontological evi-
dence with our experimental data allows us to estimate
food intake for these two Morrison Formation sauropods,
although we acknowledge the simplification inherent in
using our limited range of relevant experimental species,
in contrast to the known diversity of the Morrison For-
mation flora (Farlow et al. 2010). Again assuming an
energy requirement of 280 kJ ME/kg BW0.75/day, a 10.8 t
(Farlow et al. 2010) Morrison Formation Diplodocus sp.
feeding exclusively on ferns would need to eat 33.2 kg per
day (based on ME values derived from P. vulgare). The
same animal feeding exclusively on Equisetum sp. would
need to consume 23.8 kg/day (based on values derived
from E. hyemale) or 27.7 kg/day of a 50:50 mixture of
the two plant groups. Under the same assumptions, a
12.6 t (Farlow et al. 2010) Camarasaurus sp. with a mixed
diet consisting of equal proportions of monilophyte
understory and canopy plants (using values derived from
P. vulgare, E. hyemale, A. araucana, G. biloba and
M. glyptostroboides) would need to eat 34.2 kg/day. For
comparison, a typical modern elephant, weighing 7 t,
with an energy requirement of 550 kJ ME/kg BW0.75/day
would need to eat 47.0 kg/day of P. vulgare, 33.7 kg/day
E. hyemale sp., 39.3 kg/day of a 50:50 mixture of these
two species or 48.4 kg/day of a diet consisting of equal
parts of P. vulgare, E. hyemale, A. araucana, G. biloba and
M. glyptostroboides. See Gill et al. (2018), SI 8.4 for details
of calculations in this section.
Models of dinosaur biomass and population density
usually do not consider variation in metabolizable energy
content between different dinosaur food plants, and
between the same taxa growing under different CO2 con-
centrations (e.g. Farlow 1976; McNab 2009; Trammer
2011) or, if they do, consider it at an extremely broad
level, e.g. gymnosperms versus angiosperms (Midgley et al.
2002). At best, ME values from dinosaur food plant ana-
logues grown at ambient CO2 concentration are used
(Hummel et al. 2008; Farlow et al. 2010). However, we
have demonstrated that ME varies with CO2 growth con-
centration for the majority of our experimental species
and that the response to growth in varying levels of CO2
differs between species. Therefore, incorporating these fac-
tors into calculations may improve estimates. Returning to
the Morrison formation and substituting our experimen-
tally derived maximum (based on E. hyemale) and mini-
mum (based on A. araucana) ME values for the Late
Jurassic results in an estimated increase in carrying capac-
ity from a maximum of 54 800 000 kJ/km2/day according
to Farlow et al. (2010) to 68 500 000 kJ/km2/day (Gill
et al. 2018, SI 8.5). Assuming that Morrison Formation
herbivores found 50% of the plant matter available and
palatable (Farlow et al. 2010), this results in a change in
estimated population density of approximately 20%: from
6.4–1566 (Farlow et al. 2010) to 6.5–1954 individuals per
km2 of landscape (Gill et al. 2018, SI 8.5).
CONCLUSIONS
This study has employed a novel experimental approach
towards estimating the nutritional value of dinosaur food
plants during the Mesozoic, challenging existing assump-
tions about the relationship between CO2 levels, food qual-
ity and sauropod gigantism. In particular, our data clearly
challenge a view of a constant and linear decrease of diet
quality with increasing atmospheric CO2, which has previ-
ously been suggested as a driver for sauropod gigantism
(Midgley et al. 2002; Wilkinson & Ruxton 2013). The
mechanistic approach employed in this study could equally
well be applied to other ecosystems and megaherbivore
groups, for example, Miocene mammals (Janis et al. 2000).
Acknowledgements. We thank Darren Hepworth and Saul Vaz-
quez (University of Nottingham) and Rolf Jeronim and Anke
von Gaza (University of Goettingen) for technical support, and
James McKay for producing the dinosaur images for Figure 3.
This work was supported by the Biotechnology and Biological
Sciences Research Council [grant number BB/F017014/1]
awarded to BHL and supporting APL and a Royal Society
research award (RG110322) and Dorothy Hodgkin Fellowship
both awarded to FLG.
We also thank Jennifer McElwain, Paul Barrett, Sally Thomas
and an anonymous reviewer for their helpful comments on an
earlier draft of this paper.
Author contributions. FLG and BHL developed the research out-
lined in this paper, FLG wrote the manuscript and BHL pro-
duced the figures. APL with BHL developed and delivered the
experimental plant material. JH with FLG conducted the in vitro
fermentation experiments. ARS with JH conducted the statistical
analysis. All authors commented on the manuscript.
DATA ARCHIVING STATEMENT
Data for this study are available in the Dryad Digital Repository:
https://doi.org/10.5061/dryad.9j92p2b
Editor. Leyla Seyfullah
REFERENCES
ABE, T. and HIGASHI , M. 1991. Cellulose-centered perspec-
tive on terrestrial community structure. Oikos, 60, 127–133.
8 PALAEONTOLOGY
AKIN, D. E., KIMBALL, B. A., WINDHAM, W. R., PIN-
TER, P. J. Jr, WALL, G. W., GARCIA, R. L.,
LAMORTE, R. L. and MORRISON, W. H. III 1995.
Effect of free-air CO2 enrichment (FACE) on forage quality of
wheat. Animal Feed Science & Technology, 53, 29–43.
ANDREWS, J. E., TANDON, S. K. and DENNIS , P. F.
1995. Concentration of carbon dioxide in the Late Cretaceous
atmosphere. Journal of the Geological Society, 152, 1–3.
BACON, K. L., HAWORTH, M., CONROY, E. and
McELWAIN, J. C. 2016. Can atmospheric composition
influence plant fossil preservation potential via changes in leaf
mass per area? A new hypothesis based on simulated palaeoat-
mosphere experiments. Palaeogeography, Palaeoclimatology,
Palaeoecology, 464, 51–64.
BARCLAY, R. S., McELWAIN, J. C. and SAGEMAN, B.
B. 2010. Carbon sequestration activated by a volcanic CO2
pulse during Ocean Anoxic Event 2. Nature Geoscience, 3,
205–208.
BARRETT, P. M. 2014. Paleobiology of herbivorous dinosaurs.
Annual Review of Earth & Planetary Sciences, 42, 207–230.
BEERLING, D. J. and ROYER, D. L. 2002. Fossil plants as
indicators of the Phanerozoic global carbon cycle. Annual
Review of Earth & Planetary Sciences, 30, 527–556.
BEERLING, D. and WOODWARD, F. I. 2001. Vegetation
and the terrestrial carbon cycle: the first 400 million years. Cam-
bridge University Press, 405 pp.
BEERLING, D. J., McELWAIN, J. C. and OSBORNE, C.
P. 1998. Stomatal responses of the ‘living fossil’ Ginkgo biloba
to changes in atmospheric CO2 concentrations. Journal of
Experimental Botany, 49, 1603–1607.
-FOX, A. and ANDERSON, C. W. 2009. Quantitative
uncertainty analyses of ancient atmospheric CO2 estimates
from fossil leaves. American Journal of Science, 309, 775–787.
BL €UMMEL, M. and OERSKOV, E. R. 1993. Comparison of
in vitro gas production and nylon bag degradability of
roughages in predicting feed intake in cattle. Animal Feed
Science & Technology, 40, 109–119.
-AIPLE, K.-P., STEINGASS , H. and BECKER, K.
1999. A note on the stoichiometrical relationship of short
chain fatty acid production in vitro in feedstuffs of widely dif-
fering quality. Journal of Animal Physiology & Animal Nutri-
tion, 81, 157–167.
BONIS , N. R., KONIJNENBURG-VAN CITTERT, J. H.
A. VAN and K €URSCHNER, W. M. 2010. Changing CO2
conditions during the end-Triassic inferred from stomatal fre-
quency analysis on Lepidopteris ottonis (Goeppert) Schimper
and Ginkgoites taeniatus (Braun) Harris. Palaeogeography,
Palaeoclimatology, Palaeoecology, 295, 146–161.
BURNESS , G. P., DIAMOND, J. and FLANNERY, T.
2001. Dinosaurs, dragons, and dwarfs: the evolution of maxi-
mal body size. Proceedings of the National Academy of Sciences,
98, 14518–14523.
BUTTON, D. J., RAYFIELD, E. J. and BARRET, P. M.
2014. Cranial biomechanics underpins high sauropod diversity
in resource-poor environments. Proceedings of the Royal Soci-
ety B, 281, 20142114.
CARTER, E. B., THEODOROU, M. K. and MORRIS , P.
1999. Responses of Lotus corniculatus to environmental
change. 2. Effect of elevated CO2, temperature and drought on
tissue digestion in relation to condensed tannin and carbohy-
drate accumulation. Journal of the Science of Food & Agricul-
ture, 79, 1431–1440.
CERLING, T. E. 1991. Carbon dioxide in the atmosphere: evi-
dence from Cenozoic and Mesozoic palaeosols. American Jour-
nal of Science, 291, 377–400.
-1992. Use of carbon isotopes in paleosols as an indicator
of the P(CO2) of the paleoatmosphere. Global Biogeochemical
Cycles, 6, 307–314.
CHANNING, A., ZAMUNER, A., EDWARDS, D. and
GUIDO, D. 2011. Equisetum thermale sp. nov. (Equisetales)
from the Jurassic San Agustın hot spring deposit, Patagonia:
anatomy, paleoecology, and inferred paleoecophysiology.
American Journal of Botany, 98, 680–697.
CHEN, L.-Q., LI , C.-S., CHALONER, W. G., BEERLING,
D. J., SUN, Q.-G., COLLINON, M. E. and MITCHELL,
P. L. 2001. Assessing the potential for the stomatal characters
of extant and fossil Ginkgo leaves to signal atmospheric CO2
change. American Journal of Botany, 88, 1309–1315.
CLEVELAND, D. M., NORDT, L. C., DWORKIN, S. I.
and ATCHLEY, S. C. 2008. Pedogenic carbonate isotopes as
evidence for extreme climatic events preceding the Triassic-
Jurassic boundary: implications for the biotic crisis? Geological
Society of America Bulletin, 120, 1408–1415.
CRANE, P. R., FRI IS , E. M. and PEDERSEN, K. R. 2000.
The origin and early diversification of angiosperms. In GEE,
H. (ed.) Shaking the tree: readings from Nature in the history of
life. University of Chicago Press, 418 pp.
CURTIS , P. S. 1996. A meta-analysis of leaf gas exchange and
nitrogen in trees grown under elevated carbon dioxide. Plant,
Cell & Environment, 19, 127–137.
D’EMIC, M. D., WHITLOCK, J. A., SMITH, K. M.,
FISHER, D. C. and WILSON, J. A. 2013. Evolution of
high tooth replacement rates in sauropod dinosaurs. PLoS
One, 8, e69235.
DECHERD, S. M. 2006. Primary productivity and forage qual-
ity of Ginkgo biloba in response to elevated carbon dioxide
and oxygen – an experimental approach to mid-Mesozoic
palaeoecology. PhD thesis, North Carolina State University,
USA.
DORIA, G., ROYER, D. L., WOLFE, A. P., FOX, A.,
WESTGATE, J. A. and BEERLING, D. J. 2011. Declining
atmospheric CO2 during the late Middle Eocene climate tran-
sition. American Journal of Science, 311, 63–75.
DU, B., SUN, B., ZHANG, M., YANG, G., XING, L.,
TANG, F. and BAI , Y. 2016. Atmospheric palaeo-CO2 esti-
mates based on the carbon isotope and stomatal data of
Cheirolepidiaceae from the Lower Cretaceous of the Jiuquan
Basin, Gansu Province. Cretaceous Research, 62, 142–153.
EHLERINGER, J. R., CERLING, T. E. and DEARING,
M. D. 2002. Atmospheric CO2 as a global change driver influ-
encing plant-animal interactions. Integrative & Comparative
Biology, 42, 424–430.
EKART, D. D., CERLING, T. E., MONTA ~NEZ, I. P. and
TABOR, N. J. 1999. A 400 million year carbon isotope record
of pedogenic carbonate: implications for paleoatmospheric
carbon dioxide. American Journal of Science, 299, 805–827.
G ILL ET AL . : D IETS OF GIANTS 9
FARLOW, J. O. 1976. A consideration of the trophic dynamics
of a Late Cretaceous large-dinosaur community (Oldman For-
mation). Ecology, 57, 841–857.
-1987. Speculations about the diet and digestive physiology
of herbivorous dinosaurs. Paleobiology, 13, 60–72.
-COROIAN, I. D. and FOSTER, J. R. 2010. Giants on
the landscape: modelling the abundance of megaherbivorous
dinosaurs of the Morrison Formation (Late Jurassic, western
USA). Historical Biology, 22, 403–429.
FLETCHER, B. J., BRENTNALL, S. J., ANDERSON,
C. W., BERNER, R. A. and BEERLING, D. J. 2008. Atmo-
spheric carbon dioxide linked with Mesozoic and early Ceno-
zoic climate change. Nature Geoscience, 1, 43–48.
FOSTER, G. L., ROYER, D. L. and LUNT, D. J. 2017.
Future climate forcing potentially without precedent in the
last 420 million years. Nature Communications, 8, 14845.
FRAKES, L. A. and KRASSAY, A. A. 1992. Discovery of
probable ice-rafting in the Late Mesozoic of the Northern Ter-
ritory and Queensland. Australian Journal of Earth Sciences,
39, 115–119.
FRANKS, P. J., ROYER, D. L., BEERLING, D. J.,
WATER, P. K. VAN DE, CANTRILL, D. J., BARBOUR,
M. M. and BERRY, J. A. 2014. New constraints on atmo-
spheric CO2 concentration for the Phanerozoic. Geophysical
Research Letters, 41, 4685–4694.
FRIIS , E. M., PEDERSEN, K. R. and CRANE, P. R. 2010.
Diversity in obscurity: fossil flowers and the early history of
angiosperms. Philosophical Transactions of the Royal Society B,
365, 369–382.
GHOSH, P., BHATTACHARYARA, S. K. and JANI , R.
A. 1995. Palaeoclimate and palaeovegetation in central India
during the Upper Cretaceous based on stable isotope compo-
sition of the palaeosol carbonates. Palaeogeography, Palaeocli-
matology, Palaeoecology, 114, 285–296.
-GHOSH, P. and BHATTACHARYA, S. K. 2001. CO2
levels in the Late Palaeozoic and Mesozoic atmosphere from
soil carbonate and organic matter, Satpura basin, Central
India. Palaeogeography, Palaeoclimatology, Palaeoecology, 170,
219–236.
-BHATTACHARYA, S. K. and GHOSH, P. 2005.
Atmospheric CO2 during the Late Paleozoic and Mesozoic:
estimates from Indian soils. 8–34. In EHLERINGER, J. R.,
CERLING, T. E. and DEARING, M. D. (eds). A history of
atmospheric CO2 and its effects on plants, animals, and ecosys-
tems. Springer.
GILL , F. L., HUMMEL, J., SHARIFI , A. R., LEE , A. P.
and LOMAX, B. H. 2018. Data from: Diets of giants the
nutritional value of sauropod diet during the Mesozoic. Dryad
Digital Repository. https://doi.org/10.5061/dryad.9j92p2b
GREENWOOD, D. R., SCARR, M. J. and CHRISTO-
PHEL, D. C. 2003. Leaf stomatal frequency in the Australian
tropical rainforest tree Neolitsea dealbata (Lauraceae) as a
proxy measure of atmospheric pCO2. Palaeogeography, Palaeo-
climatology, Palaeoecology, 196, 375–393.
GRUBB, P. J. 1992. Presidential address: a positive distrust in
simplicity – lessons from plant defences and from competition
among plants and among animals. Journal of Ecology, 80, 585–
610.
GUTIERREZ, K. and SHELDON, N. D. 2012. Paleoenvi-
ronmental reconstruction of Jurassic dinosaur habitats of the
Vega Formation, Asturias, Spain. GSA Bulletin, 124, 596–610.
HABECK, C. W. and LINDROTH, R. L. 2013. Influence of
global atmospheric change on the feeding behavior and
growth performance of a mammalian herbivore, Microtus
ochrogaster. PLoS One, 8, e72717.
HAWORTH, M., HESSELBO, S. P., McELWAIN, J. C.
and ROBINSON, S. A. 2005. Mid Cretaceous pCO2 based
on stomata of the extinct conifer Pseudofrenelopsis. Geology,
33, 749–752.
HONG, S. K. and LEE , Y. I. 2012. Evaluation of atmospheric
carbon dioxide concentrations during the Cretaceous. Earth &
Planetary Science Letters, 327–328, 23–28.
HUANG, C. M., RETALLACK, G. J. and WANG, S. C.
2012. Early Cretaceous pCO2 levels recorded from pedogenic
carbonates in China. Cretaceous Research, 33, 42–49.
--WANG, C. and HUANG, Q. 2013. Paleoat-
mospheric pCO2 fluctuations across the Cretaceous-
Tertiary boundary recorded from paleosol carbonates in NE
China. Palaeogeography, Palaeoclimatology, Palaeoecology, 385,
95–105.
HUMMEL, J. and CLAUSS, M. 2011. Sauropod feeding and
digestive physiology. In KLEIN, N., REMES, K., GEE , C.
T. and SANDER, P. M. (eds). Biology of the sauropod dino-
saurs: understanding the life of giants. Indiana University Press,
344 pp.
-S €UDEKUM, K.-H., STREICH, W. J. and CLAUSS ,
M. 2006. Forage fermentation patterns and their implications
for herbivore ingesta retention times. Functional Ecology, 20,
989–1002.
-GEE, C. T., S €UDEKUM, K.-H., SANDER, P. M.,
NOGGE, G. and CLAUSS, M. 2008. In vitro digestibility of
fern and gymnosperm foliage: implications for sauropod feed-
ing ecology and diet selection. Proceedings of the Royal Society
B, 275, 1015–1021.
JANIS , C. M., DAMUTH, J. and THEODOR, J. M. 2000.
Miocene ungulates and terrestrial primary productivity: where
have all the browsers gone? Proceedings of the National Acad-
emy of Sciences, 97, 7899–7904.
KAPLAN, F., ZHAO, W., RICHARDS, J. T., WHEELER,
R. M., GUY, C. L. and LEVINE, L. H. 2012. Transcrip-
tional and metabolic insights into the differential physiological
responses of Arabidopsis to optimal and supraoptimal atmo-
spheric CO2. PLoS One, 7, e45383.
KARASOV, W. H. and DOUGLAS, A. E. 2013. Comparative
digestive physiology. Comprehensive. Physiology, 3, 741–783.
K €ORNER, C. 2004. Through enhanced tree dynamics carbon
dioxide enrichment may cause tropical forests to lose carbon.
Philosophical Transactions of the Royal Society B, 359, 493–498.
-2015. Paradigm shift in plant growth control. Current
Opinion in Plant Biology, 25, 107–114.
LEE, Y. I. 1999. Stable isotopic composition of calcic paleosols
of the Early Cretaceous Hasandong Formation, southeastern
Korea. Palaeogeography, Palaeoclimatology, Palaeoecology, 150,
123–133.
LEE, A. P. 2015. CO2 decline and the rise of the angiosperms.
PhD thesis, University of Nottingham, UK.
10 PALAEONTOLOGY
LEE, Y. I. and HISADA, K. 1999. Stable isotopic composition
of pedogenic carbonates of the Early Cretaceous Shimonoseki
Subgroup, western Honshu, Japan. Palaeogeography, Palaeocli-
matology, Palaeoecology, 153, 127–138.
LEIER, A., QUADE, J., DECELLES , P. and KAPP, P.
2009. Stable isotopic results from paleosol carbonate in South
Asia: paleoenvironmental reconstructions and selective alter-
ation. Earth & Planetary Science Letters, 279, 242–254.
LI , X., JENKYNS, H. C., ZHANG, C., WANG, Y., LIU, L.
and CAO, K. 2014. Carbon isotope signatures of pedogenic
carbonates from SE China: rapid atmospheric pCO2 changes
during middle–late Early Cretaceous time. Geological Maga-
zine, 151, 830–849.
LU, Y., RAN, J. H., GUO, D.-M., YANG, Z.-Y. and
WANG, X.-Q. 2014. Phylogeny and divergence times of
gymnosperms inferred from single-copy nuclear genes. PLoS
One, 9, e107679.
LUDVIGSON, G. A., JOECKEL, R. M., MURPHY, L. R.,
STOCKLI , D. F., GONZALEZ, L. A., SUAREZ, C. A.,
KIRKLAND, J. I. and AL-SUWAIDI , A. 2015. The
emerging terrestrial record of Aptian-Albian global change.
Cretaceous Research, 56, 1–24.
MAYS, C., STEINTHORSDOTTIR, M. and STILWELL,
J. D. 2015. Climatic implications of Ginkgoites waarrensis
Douglas emend. from the south polar Tupuangi flora, Late
Cretaceous (Cenomanian), Chatham Islands. Palaeogeography,
Palaeoclimatology, Palaeoecology, 438, 308–326.
McELWAIN, J. C. 1998. Do fossil plants signal palaeoatmo-
spheric CO2 concentration in the geological past? Philosophical
Transactions of the Royal Society B, B353, 83–96.
-BEERLING, D. J. and WOODWARD, F. I. 1999. Fos-
sil plants and global warming at the Triassic-Jurassic bound-
ary. Science, 285, 1386–1390.
-WADE-MURPHY, J. and HESSELBO, S. P. 2005.
Changes in carbon dioxide during an oceanic anoxic event
linked to intrusion into Gondwana coals. Nature, 435, 479–482.
McNAB, B. K. 2009. Resources and energetics determined
dinosaur maximal size. Proceedings of the National Academy of
Sciences, 106, 12184–12188.
MENKE, K.-H. and HUSS , W. 1987. Tierern€ahrung und Fut-
termittelkunde, 3rd edn. UTB Ulmer, Stuttgart.
-and STEINGASS , H. 1988. Estimation of the energetic
feed value obtained from chemical analysis and in vitro gas
production using rumen fluid. Animal Research & Develop-
ment, 28, 7–55.
MIDGLEY, J. J. 2005. Why don’t leaf-eating animals prevent
the formation of vegetation? Relative vs absolute dietary
requirements. New Phytologist, 168, 271–273.
-MIDGLEY, G. and BOND, W. J. 2002. Why were dino-
saurs so large? A food quality hypothesis. Evolution Ecology
Research, 4, 1093–1095.
MORGAN, J. A., MOSIER, A. R., MILCHUNAS, D. G.,
LECAIN, D. R., NELSON, J. A. and PARTON, W. J.
2004. CO2 enhances productivity, alters species composition,
and reduces digestibility of shortgrass steppe vegetation. Eco-
logical Applications, 14, 208–219.
MORTAZAVI , M., MOUSSAVI-HARAMI, R., BREN-
NER, R. L., MAHBOUBI , A. and NADJAFI , M. 2013.
Stable isotope record in pedogenic carbonates in northeast
Iran: implications for Early Cretaceous (Berriasian–Barremian)
paleovegetation and paleoatmospheric P(CO2) levels. Geo-
derma, 211–212, 85–97.
MUNTIFERING, R. B., CHAPPELKA, A. H., LIN, J. C.,
KARNOSKY, D. F. and SOMERS, G. L. 2006. Chemical
composition and digestibility of Trifolium exposed to elevated
ozone and carbon dioxide in a free-air (FACE) fumigation
system. Functional Ecology, 20, 269–275.
NAAFS, B. D. A., CASTRO, J. M., DE GEA, G. A., QUI-
JANO, M. L., SCHMIDT, D. N. and PANCOST, R. D.
2016. Gradual and sustained carbon dioxide release during
Aptian Oceanic Anoxic Event 1a. Nature Geoscience, 9, 135–
139.
NORDT, L., ATCHLEY, S. and DWORKIN, S. I. 2002.
Paleosol barometer indicates extreme fluctuations in atmo-
spheric CO2 across the Cretaceous-Tertiary boundary. Geology,
30, 703–706.
---2003. Terrestrial evidence for two greenhouse
events in the latest Cretaceous. GSA Today 13, 4–9.
---2015. Collapse of the Late Triassic megamon-
soon in western equatorial Pangea present-day American
Southwest. Geological Society of America Bulletin, 127, 1798–
1815.
PASSALIA , M. G. 2009. Cretaceous pCO2 estimation from
stomatal frequency analysis of gymnosperm leaves of Patago-
nia, Argentina. Palaeogeography, Palaeoclimatology, Palaeoecol-
ogy, 273, 17–24.
PORTER, A. S., EVANS-FITZ.GERALD, C., McEL-
WAIN, J. C., YIOTIS , C. and ELLIOTT-KINGSTON,
C. 2015. How well do you know your growth chambers? Test-
ing for chamber effect using plant traits Plant Methods, 11, 1–
10.
PROCHNOW, S. J., NORDT, L. C., ATCHLEY, S. C.
and HUDEC, M. R. 2006. Multi-proxy paleosol evidence
for middle and late Triassic climate trends in eastern
Utah. Palaeogeography, Palaeoclimatology, Palaeoecology, 232,
53–72.
PRYER, K. M., SCHUETTPELZ, E., WOLF, P. G., SCH-
NEIDER, H., SMITH, A. R. and CRANFILL, R. 2004.
Phylogeny and evolution of ferns (monilophytes) with a focus
on the early leptosporangiate divergences. American Journal of
Botany, 91, 1582–1598.
QUAN, C., SUN, C., SUN, Y. and SUN, G. 2009. High res-
olution estimates of paleo-CO2 levels through the Campanian
(Late Cretaceous) based on Ginkgo cuticles. Cretaceous
Research, 30, 424–428.
RETALLACK, G. J. 2009. Greenhouse crises of the past 300
million years. GSA Bulletin, 121, 1441–1455.
ROBINSON, S. A., ANDREWS, J. E., HESSELBO, S. P.,
RADLEY, J. D., DENNIS , P. F., HARDING, I. C. and
ALLEN, P. 2002. Atmospheric pCO2 and depositional envi-
ronment from stable-isotope geochemistry of calcrete nodules
(Barremian, Lower Cretaceous, Wealden Beds, England). Jour-
nal of the Geological Society, 159, 215–224.
ROTH, S. K. and LINDROTH, R. L. 1994. Effects of CO2-
mediated changes in paper birch and white pine chemistry on
gypsy moth performance. Oecologia, 98, 133–138.
G ILL ET AL . : D IETS OF GIANTS 11
--1995. Elevated atmospheric CO2: effects on phyto-
chemistry, insect performance and insect-parasitoid interac-
tions. Global Change Biology, 1, 173–182.
SANDER, P. M., CHRISTIAN, A., CLAUSS , M., FECH-
NER, R., GEE, C. T., GRIEBELER, E.-M., GUNGA, H.-
C., HUMMEL, J., MALLISON, H., PERRY, S. F., PRE-
USCHOFT, H., RAUHUT, O. M. W., REMES, K.,
T €UTKEN, T., WINGS, O. and WITZEL, U. 2011. Biol-
ogy of the sauropod dinosaurs: the evolution of gigantism.
Biological Reviews, 86, 117–155.
SANDLER, A. 2006. Estimates of atmospheric CO2 levels during
the mid-Turonian derived from stable isotope composition of
paleosol calcite from Israel. In ALONSO-ZARZA, A. M. and
TANNER, L. H. (eds). Paleoenvironmental record and applica-
tions of Calcretes and Palustrine carbonates, Boulder, Colorado.
Geological Society of America Special Paper, 416, 75–88.
SCHALLER, M. F., WRIGHT, J. D. and KENT, D. V.
2011. Atmospheric PCO2 perturbations associated with the
Central Atlantic Magmatic Province. Science, 331, 1404–1408.
---and OLSEN P. E. 2012. Rapid emplacement of
the Central Atlantic Magmatic Province as a net sink for CO2.
Earth & Planetary Science Letters, 323–324, 27–39.
---2015. A 30 Myr record of Late Triassic atmo-
spheric pCO2 variation reflects a fundamental control of the
carbon cycle by changes in continental weathering. Geological
Society of America Bulletin 127, 661–671.
STEINTHORSDOTTIR, M. and VAJDA, V. 2015. Early
Jurassic (late Pliensbachian) CO2 concentrations based on
stomatal analysis of fossil conifer leaves from eastern Australia.
Gondwana Research, 27, 932–939.
-JERAM, A. J. and McELWAIN, J. C. 2011. Extremely ele-
vated CO2 concentrations at the Triassic/Jurassic boundary.
Palaeogeography, Palaeoclimatology, Palaeoecology, 308, 418–432.
-VAJDA, V. and POLE, M. 2016. Global trends of pCO2
across the Cretaceous–Paleogene boundary supported by the
first Southern Hemisphere stomatal proxy-based pCO2 recon-
struction. Palaeogeography, Palaeoclimatology, Palaeoecology,
464, 143–152.
STILING, P. and CORNELISSEN, T. 2007. How does ele-
vated carbon dioxide (CO2) affect plant–herbivore interac-
tions? A field experiment and meta-analysis of CO2-mediated
changes on plant chemistry and herbivore performance. Global
Change Biology, 13, 1823–1842.
SUN, B., XIAO, L., XIE , S., DENG, S., WANG, Y., J IA ,
H. and TURNER, S. 2007. Quantitative analysis of paleoat-
mospheric CO2 level based on stomatal characters of fossil
Ginkgo from Jurassic to Cretaceous in China. Acta Geologica
Sinica, 81, 931–939.
TABOR, N. J., YAPP, C. J. and MONTA ~NEZ, I. P. 2004.
Goethite, calcite and organic matter from Permian and Trias-
sic soils: carbon isotopes and CO2 concentrations. Geochimica
et Cosmochimica Acta, 68, 1503–1517.
TANNER, L. H., HUBERT, J. F., COFFEY, B. P. and McI-
NERNY, D. P. 2001. Stability of atmospheric CO2 levels across
the Triassic/Jurassic boundary.Nature, 411, 675–677.
TRAMMER, J. 2011. Differences in global biomass and energy
use between dinosaurs and mammals. Acta Geologica Polonica,
61, 125–132.
T €UTKEN, T. 2011. The diet of sauropod dinosaurs: implica-
tions of carbon isotope analysis on teeth, bones, and plants. In
KLEIN, N., REMES, K., GEE , C. T. and SANDER, P.
M. (eds). Biology of the sauropod dinosaurs: understanding the
life of giants. Indiana University Press, 344 pp.
VAN SOEST, P. J. 1994. Nutritional ecology of the ruminant.
2nd edn. Cornell University Press.
VDLUFA 2012. Handbuch der landwirtschaftlichen Versuchs-
und Untersuchungsmethodik (VDLUFA-Methodenbuch). In
Das VDLUFA Methodenbuch. 3. Die chemische Untersuchung von
Futtermitteln. Verband deutscher landwirtschaftlicher Unter-
suchungs- und Forschungsanstalten, Darmstadt, Germany.
WAN, C. B., WANG, D. H., ZHU, Z. P. and QUAN, C.
2011. Trend of Santonian (Late Cretaceous) atmospheric CO2
and global mean land surface temperature: evidence from
plant fossils. Science China Earth Sciences, 54, 1338–1345.
WAND, S. J. E., MIDGLEY, G. F., JONES, M. H. and
CURTIS , P. S. 1999. Responses of wild C4 and C3 grass
(Poaceae) species to elevated atmospheric CO2 concentration:
a meta-analytic test of current theories and perceptions. Global
Change Biology, 5, 723–741.
WEAVER, J. C. 1983. The improbable endotherm: the energetics of
the sauropod dinosaur Brachiosaurus. Paleobiology, 9, 173–182.
WHITESIDE, J. H., LI INDSTR €OM, S., IRMIS , R. B.,
GLASSPOOL, I. J., SCHALLER, M. F., DUNLAVEY,
M., NESBITT, S. J., SMITH, N. D. and TURNER, A. H.
2015. Extreme ecosystem instability suppressed tropical dino-
saur dominance for 30 million years. Proceedings of the
National Academy of Sciences, 112, 7909–7913.
WILKINSON, D. M. and RUXTON, G. D. 2013. High C/N
ratio (not low-energy content) of vegetation may have driven
gigantism in sauropod dinosaurs and perhaps omnivory and/
or endothermy in their juveniles. Functional Ecology, 27, 131–
135.
WROBLEWITZ, S., H €UTHER, L., BERK, A., LEB-
ZIENA, P., KLUTH, H., MANDERSCHEID, R., ERBS ,
M., WEIGEL, H.-J., W €ATZIGD, H. and D €ANICKE, S.
2008. The impact of free air carbon dioxide enrichment
(FACE) on nutrient digestibility of maize grains in pigs and
broiler chickens and on ruminal in sacco degradability. Animal
Feed Science & Technology, 196, 128–138.
WU, J.-Y., DING, S.-T., LI , Q.-J., SUN, B.-N. and WANG,
Y.-D. 2016. Reconstructing paleoatmospheric CO2 levels based
on fossil Ginkgoites from the Upper Triassic and Middle Juras-
sic in Northwest China. Pal€aontologische Zeitschrift, 90, 377–
387.
YAN, D. F., SUN, B. N., XIE , S. P., L I , X. C. and WEN,
W. W. 2009. Response to paleoatmospheric CO2 concentra-
tion of Solenites vimineus (Phillips) Harris (Ginkgophyta)
from the Middle Jurassic of the Yaojie Basin, Gansu Province,
China. Science in China Series D: Earth Sciences, 52, 2029–
2039.
12 PALAEONTOLOGY
